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Abstract Trace fossils record the behavioral characteristics of ancient organisms, and their preservations reflect the
intimate interaction between organisms’ ethology, habitable substrates, and their living environments. In particular,
soft-bodied organisms usually are difficult to be preserved in the fossil records, but their behaviors can be preserved as
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trace fossils. Thus, trace fossils are pivotal in reconstructing palacoenvironmental and palacoecological interpretations,

deciphering the early evolution of life and the infaunal responses to environmental extremes during mass extinctions.

This paper focuses on the advancement of the above mentioned ichnological research topics during the past ten years,

and puts forward potential directions in future ichnological studies.
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38R A A A BT T S IR A A ORI R 1
P A i stk o 5 SR A AN ], stk
WA s T AEMDBOAT Ry SRR AIE o 00308 27 R R N
KA B ARIE L 2 AR, &b T Kk e
PDIfRGEA B 28—, 2014). 20 4 50 4R
Seilacher H1 Hantzschel 7135t 328 2% 4 5 H 1) 61
PEC AR Al A 38 A o — T LR Y A2 R
(Seilacher, 1967; Hintzschel, 1975), FHHM % T i
W R AR S 2 1) A SR
WA AT ORAT, AR AR 0 o A 3% 2] 1
WUIMR, &5 AW A B BE S A (R i o 48
T KBS EREERIE SR T ) RN £ 5
BV MY A i S R U QN T N I/ N7
IR TR A5 ) BB A OC o IX A 15358 3R Ak A AN [R] T S 4K
of: DAl sk T AEDIAT R 2R AL 2) 1)
— R R AN R AR SR (— ) 2 ), 3)
AH ) 288 784 1 A2 4y 6t 308 ] ey AN () 26 49 B T e (G 328
EYEARRE M), 4)Z AW AT ae L RDE pe— A
AW as I (22 W) — T ); 5t I AR O R ARAR A ),
7] by FLRE A ) AR B 1 6) 35t 8 A A DR AT AL
TG SEARA A DR A I W M 2 s 7) [R]— 152 328 g T g
PREC T AN [ T S BUAN [F B 2S5 8) K 2 Bt A A
WA A N ) G 255 9y g I ik A A A
WA AERIREL 0 AG; 10)I802E 6 A 22 J5U T,
1R /> W% #% 32 (Bromley, 1996; 47 278 2% 2004;
Buatois and Mangano, 2011; Minter ef al., 2016).
BET A A R I AR A PR A T ) R
WK, L AR RIR I AR S B A A
MR EZES Y, fEE GRS, KR
BRI dr Al . R T R TR T I R AR A R
5295 DA KA 5 R8RS T 45 A A R
I o B3 B FE T3 10 R4E R A AR/ = A

J7 T BT ERA RORT R B B, IR T R EE
AN GG, o i 0 AR R 38 27 K RE XD J5 T AT T
JEB o B A AE A R AR A B R e
W, B SMESCHE IR I

2 A S AR A A i

A st A Ay FBE SR B R AR, —H 2
TR A () BRI A, AR ) i st e 4 4 [
BFF T 2 R E] o it 38 2 R 2% () B U 22— (5F K
2, 2008; TKALZESE, 2015; YuATAL. 2R,
2017; AR EE, 2019). b A A WAT b 2
() 5 LA UE, B AR T A AR AR A 2] PR
TR B R ME AL SR, RSB A kA AR
CEAE Rt S5 DAV U7 = 2 A 17 T B s
P A b I I — 2 R R s, 5
Ao A e 0 o e A A R A o g RS v Tt i
1) T 285 K 26 i S R ast a2 R AL (B 1-A, 1-B;
Zong and Gong, 2018). X —HF 50K AW SKABAT
1B R 360 Ma {4, JF MRS AV sK S
FIPE L BEAT A s A B A T 280 AR ) 2 S 4
AN, AR R R, AR g s Ak A il
K, BT R ISR Osculichnus (&
1-C; Fan et al., 2019). X —HF 500 ) FH 1822 27 2
i T AR A IR R AT AR AE T e RE . B AR, Luo
45(2020a)55F N BT HRiE TAL TR — 5
t Snapper Point 41 o —Ffg (1) 15t 28 2H 44 (] 1-D).
TH I 0F B A 2 ORR A FAEE 8 2 () R 5 A i
KIIXK Parahaentzschelinia 5l T1E
A PNERITE A AR TR R 5 IR PR T I AR e R )
VI o ORR ) R T S AR A 45 36 325 A ) AN T 1
AP /K S 2 0] A7 B, 3 st e 4k A
AW L IE R 134 15 #4938 (equilibrium structure).
IR AT IR L S R R A AR W] R TE T
TRt DT, KR DR YT IR A% 7 P HE R
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=M EE . BYE Parahaentzschelinia 1577521,
) 7B 75 7 5 ) o P R 3K 28 0 56 8 33 108 A ) ) e K

A, KT I =AU A 0.24 cm/y
(Luo et al., 2020a),

’//l//Ill//////HII////////II[!IH[W’/Ylll///H))UI[H!UH1UIiYU)HWMHYHHHIHHIH\HJ\

K1 BRIARERA TR 2AT O (R84 A o 451
Fig. 1 Newly discovered trace fossils representing different ecological behaviours

A, BT SR G VI o R 2 b R B SR A2 BRI A T R A I (B R LU, €, i B D DX e 2t 000 2H 42 v A B .9 0 e
BT IV Osculichnus (51 H Fan et al., 2019); D, F§2&JE @ 5 Stk Snapper Point 41 R B — 2 (¥ Parahaentzechelinia 32411 .

A, Courtship trace fossil found from the Upper Devonian Hongguleleng Formation of Western Junggar in Xinjiang Province (from Zong and Gong, 2018).
B, radiated sand bedform on seafloor created by Torquigener albomaculosus in Japan Sea. C, Fish hunting trace Osculichnus on sole surface of sandstone,
Upper Devonian Wutong Formation, Wuhan of Hubei Province (from Fan et al., 2019). D, funnel-shaped trace fossil Parahaentzschelinia isp. forming
stacked ichnofabric, Lower Permian Snapper Point Formation of southern Sydney Basin, Australia (from Luo et al., 2020a).

I FH 8L 704X A 8 7 DO 355 (19 44 088 JE 4% A,
— H R 2 I OV A RU(W0: Bromley and
Ekdale, 1984; Martin, 2004; Savrda, 2007). 4
WFFT R W, R S o a0 A0 A 6 DURUE B SR A I
JE I F 2, AT R AR i AN SEAE AR SR T .
i, X AEEZE(Chondrites) 15T, R & 28 2B
WA R RAE TR R LT, ik
23 (chemosymbiosis) i) I H g 4 B i 1%
(Seilacher, 1990; Fu, 1991), Chondrites )3 ¥ 4%
F oK 4 7 W S8R 40K DU 31 B8 (Bromely  and
Ekdale, 1984; Ekdale, 1992; #72\H %%, 2004). 5T
MW TR B, I st 25 b A A 2R AR ) 2

I H )2 50 A T ik K R IR K A 5% (Baucon et al.,
2020). UEAL, TAEVIRBEIINIE A TR, EHE PN
UURR T 50 1) 34 5% 45 14 (Ekdale and Mason, 1988;
Kaiho, 1994; Poulson et al., 2006; Savrda, 2007). %A
1], Dashtgard A1 MacEachern (2016)X} 424 Abian
HIRD e (P i 2 A Hb ER AL 225 3R WH, TE W)
Peshle e DR TE BT 4R UK 56 A1, Bz AE P9t
Bl TR Z K AR S AR R A 25
mg/L), AN LSRR 7 A4 3 78 A= ) 1R R A O
TR A P4 8l (Dashtgard and MacEachern,
2016). IX—FFCEEMEERAT], W] REHE s NIRRT
Ve B VTR T B S S IR 9
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3 A R A A AL

LA
JUT- 02 8k o 3K A A IR il = Wil e 5 P
%, ARMEAE 2] b R A A, (R ARATT ) AR
i S H BEORAT N A st 7 . Tk, Bl Ak A
PRy (A R T I T .

el KRN I N D =R SemIE 7/ TP ERY Y
Fr 140 (Tonian, 1000—720 Ma), P50 %F #5504 1
R U TP o {7 RN B il SE VA
(Erwin et al., 2011; Reis et al., 2015). #Rifi, G
DAk AT U SR 1 3 DU Bk 20y 40 B RT i H B 228 3 R
P 2 g o Il S AL FR AR 2D B 1) S AR A A Rl
TEAGAT o BEIRAT T 43 27 3 0 I 1 328 A A i SR AR
- 3 FE B W BRI (R AT OBE A 12 A4 S R
(Rasmussen et al., 2002), {H Ji5 ZHH 57 50 il 7] F-IA

g IX G0 5% A B A A1 (Conway Morris, 2002; Jen-

sen, 2003). %=L Tacuari 415K PR A M
TR AREAF Hb 2 A (1) 358328 25 B ST Sk 0K B O A )
Wy A A AT GE 2R 2 5 Gl R by 4 I (~585 Ma,
Pecoits et al., 2012) XL RATAER D 2 T 1 A
T ¥ 3% 22 I R385 Hy 4 270 1A TR R s 10 A
AR I I 2 o DRAF I (AR AT HR BRAR 1)
(Al JEL R 38, I AE ¥ 700 S (191 4 Ak ) BR A7 A 4N 1)
M 15 T M1 355 (Pecoits ef al., 2012). 33525 7 4R 4
B A Ay E AT AR AR TR B TR %) V99 000 5% R B 40 A
TP PN 0 0 T Bl RV X — a8 2 IR 1 5k
{180 V000555 R 20 400 S LI (1] 5 43— e B 1) ) A W)
A, RBIE S, AR I G fR H X B b )2 1)
AP Sl = & SN (T 223 i i SE VA W ol ]
(Gaucher et al., 2013). K, X FHid-Ffre
9 DL U RR B0 I A A e sk, H AT G T
R .

AR, 1l = sk b KT 2 A A BR M B
(551-541 Ma)H K BT ERAE X B ks 55 (1 a8t 108 4k A7
(Chen et al., 2013, 2018, 2019), il W #5051 5
W /DfE R M . bdn, HRIE R
BT — 2K & (Lamonte) P 51 AT . T
FEAARATHE o 318 TP AN BB R AE T 2 AN H
(R /NTUT G, 2 o JO TR R A PR 8 3 DU S Bk — &R

i ) 2 98 w20 LU K 2 AR A2,

IR . XS BRI R R IR St oy B
JEAR B B B A DTAR ) R I € AT Pl 3 g o BT
B2, 24K KB AN AT, VI AL
FEAEVE T ) WL, AT R 2 2] B3 . X R4
LW, XLLan v o B AR, IF A B S
P 5 R AEDUR Y R T8 CAT I8, TR %
W PTAR ) 3% T B3R AN DT AR A % 2 It B i (Chen
et al., 2018), IXLEi5t 7 27 Uk P 4 2 A7 L R B
AT PR 2 4 1 s 8 B 4 JE AL 2 T IR Il R By
20 B, R IX — I, A AT N B
T AR IR A BT THRIZ 348,
Wiz 3 e )13 B K3 i, LI S
BAL S B E R DRI, X ) R AR A
BN E G L Ay R N B AL S
E—RP CRIER, 2018), I HE ) — 2
0 TR A=) S FLAE T 108 (1 #4388 32F, mortichnia) )
LRV ORAF, 1E— 20 K U153 5 S ) ) L LI 1]
PERT B 7 B b 4 M (FR Ut 2019; Chen et al.,
2019). X—WF5EWRY], Z WP 5
ALE W A 5.5 /4R O, Bl AR A BRI
KRG E] T R, ORI T — I
WX R Sh W) Tkaria wariootia )% L1 il ) 1ot 725
Helminthoidichnites (Evans et al., 2020). iA#F5T
HE— 2D A T PR 0] FR B ) A 1 ek - 42 WG 0T
EL 2L H B W

WAL, S5 R R 2 W A AR ) I AR T 2CUAR AT
Re S AEY R R K B % UM . L4 w8 1
ARV G, oA EM TR AR R E AR,
A 45 355 Jh B3 4 B SRR, A AR B W I A A
A fr G ) AiE 1 A ) 4 (Gingras et al., 2011).
X I 3 8 A ) ] DAAE A 5 R B IR AR A R
K )E B EIES . MU A ] A S AR,
TE T AR I8 TE I e o Bt R R 20 AR W TR T
W2 KB, R 50 7 R AR ) AR i 3 2 R AL
AL T HEY) LA (Xiao et al., 2019).

4 BB RER BRI A A
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LR 5 B 31 10 A 2 R R T oo K
A A S S VE I A RURTT AT o R a2 S 2R
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5 WEMRRAJGHRESREIR, —HZRW
AW 5, R A 5ORN L ER AL 2 S R G
Ho REYE IR R R B R, AR
ZNEMMOANT, BB ARAZ. A
Ekdale A1 Bromley (1984) #IJ FH gt 254k A7 £8 R it b
A=A T S A0 R DR R A i o) A i B 555 1) o 1. i
R 22 TR AIE 9 8 AT S8 30840 A ) S5 4R 1) 0 B
i R R A8 i TE AV A 2 38 0T AR i B 55 (18 o 12 1k 2 R
BUhl, R REET - S4-—FA 2K
WE2Ead sk GV . PE 429, 2010; Twitchett and
Wginall, 1996; Twitchett, 1999; Pruss and Bottjer,
2004; Cao and Zheng, 2009; Fraiser and Bottjer,
2009; Knaust, 2010; Zonneveld et al., 2010; Chen et
al., 2011; Hofmann et al., 2011; Luo and Chen,
2014; Luo et al., 2016, 2017, 2019a, 2019b, 2020;
Feng et al., 2017, 2018, 2019; Zhang et al., 2017,
2018, 2019, 2020) . 35 3T P4 Jisi it 720 20 ) [ Bt o) 2,
Y IR I —Fh i T 1) B L R e (G B 22—
N3, 2017; A= 7KK4E, 2019).

BT 30 SERIWTFTH, O VPG AN A ) %
RGN, % e N T 2 i A R bR ok
AT IR £ 490 19 52 95 23] (Taylor and Goldring,
1993; Twitchett and Wignall, 1996; Miller and Smail,
1997; Miller, 2003; Buatois and Mangano, 2013;
Buatois et al., 2017), A& FAERE A3 R IR
I A A o I L T AR b e 2 i s A 65 1 1A A 7
5t % (ichnodiversity) 15 &7 B (10 3 1 15 78 05
[, ichnodisparity, #i9K, 2012; XIEEL. 5K 7%,
2018) “EW B fis B/t 125 4 19 45 2 (bioturbation
index / ichonfabric index). JZ Ifl 2E 44k &) ¥5
(bedding plane bioturbation index). ¥ 7K /N, Sk
B JE I B, B )2 (tiering) 73 AT AIE 2R 4L A1
42 A% J¥ (trace fossil complexity)Z . X LEF5 AR 1255
EH, AT EVEAL R A R B g AR, i
SEFE AR IR B AR R S 5o R SR AT S, A A —
SO E T, TEUR 2 52 Wi 4 ok 5 BRATE P 82 78 2 3
KIEA AR A SR LR AN . Luo 45
(2020b) 3t T B al— = B4l 2 AT ML AT WY,
X SR AE S R IR I BT B S AR AR AT T R4
i BEALEL G, JF R A — AN 18 2 R R 1R P9 IR R A
SEHEAT T FUE AW TR E T A] LA 2N A 2t
SRR, JE4 H X SRR AV S I (o 2

AR ZREVE S AL E B2 A 3 OR/D
85); [ ARG A T et A e bR ()2 1 AR
HARE) . XA A I G PR I8t 2 45 b oF
S REHBE T R IR,

FIH & A A KRB IE I, W] &4 K
PR KA F A G A 5 e T —
e, Luo B QO2HEES TR - BA =S4
A P IR A A s, BT R e A A e
FIVEAL, TR T Akt b4 A7 )& 3 e FE T Bk T
(ichnodisparity) 4k i £ (&l 2-A, 2-B). X—HF5T
R IBAEAYA7 53 e FE 5 SEAR A A 2 ) A B Sl i A
MR (E 2-C), fERKKRAGFHG, LA ZFEPE
WL T 2R B, I A A g e AN AT B
W PRAG, B ERER T 5 R K4 A HT ) 53 e B KA
(B 2-A) o XFAS[R] I Brast o J& 5 4 20 B 43 21 (1) 158 728
B2 2 ek B, L= Bt AN [, s E Ak A1 1)
LRI 2 ek 2 i by 7, 2 H0E LAY A e
VIR E ALK 53N, AR KK 4 A wr (an
REFMAM KM INMAESRTEEE B2 EMTh
=SS I, TR E B R LG B T 22 (Luo
et al., 2021), EX—MWRHH = SMMEY SRR
BIEBARGF X LR R . X — W90 HE O K4 5
ARG K=K T, R0 68k 2 525 1 R
fEQE T RIF4 4, h— PR e i =t
TR B J2 2R 01T 3 B AR A W) 48 30 1 (Hofmann er
al., 2015). HIEMPFFARRME, £ KL S
ARG AR E N ES RIEEEY T
AAERAE T IR (Luo et al., 2019).

TE R D RO K A AR 25 3R S5 () o R A
LSVl o U 7)Y R S e N 20 A =P N < Bt o £
IR IR AN [F] R AR A R AR (5K S 4255, 2015) . L
w, ZB/BARMKKGEEMNG, BNMESRER
FESE T AH YA 18] o OB AR 35 3R I 1) 4% T 3t 3
WATRERY, BN REBEESRESh =S
WA T IR, BAE L)) T 5 Ma (Chen et al.,
2011; Luo et al., 2016, 2019a, 2019b; Feng et al.,
2018; Stachacz and Matysik, 2020). & 728 25 47 () Wi
I 5 S 5 7R (1) 52 ) R 55 S AR A A 9T 8 s TR &
R4 (Chen and Benton, 2012; Benton et al.,
2013), X BRI R 2 M S T S AL
30— B = 5 A X IS SRR i A 5 A A 1 i SR A
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Pl 2 St 2 o = g AN [ A 3 A SR A A A 3 e (A) R ik
JE £ (B) & L5 = AR s A6 32 B (O M BUEL (B 2 A Luo er
al., 2021)

Fig.2 A, Trend of global ichnodiverstiy from late Permian to Middle
Triassic. B, Trend of global ichnodisparity from late Permian to Middle
Triassic. C, Relative abundance of microbialites from Lower to Middle
Triassic (all figures modified from Luo ef al., 2021)

BER PR Z A o b5 3K — IR Y5t 25 2 Wi B 7 A= i 1Y )
EE FR) A 1 2 20 R U ROR 246 A i ) 2 8 22 W &
Rodriguez-Tovar %5(2006, 2011, 2020)X} 2 H 74 md
B VB A6 LU S SR T AF 2R w0 R B 5
Hhy S 20—l T A M A A TR R TR
W, RWAERREIN 2 A B E iR bR, Wil

Wha B WK B E S K4 7 22
b AR B P B2 B K A T K P 3K — 5t 2 ) Y
et 52 0 I BRAR &, A 70 J7 4F (Rodriguez-
Tovar et al., 2020), X —5 LR A LL KK
KA AT VAR S IR B e AR — A E R IR
AR o — T, A AR R K 4 A
SR B R S (e A kA, 2017), FE A
X FR 5 A AL (1) 5% i A PR, R AR S R

5 WHUREE

WA Bk 0 R R A 1 8 2 R R Y
Ok 2 L Je 353 720 20 g ] B A v 2 1) i RS0 2
—(FFAK A, 2008; SROLAEAE, 2015; YU AL, 3E
— N5, 2017; AACOREE, 2019), JEREAEAR R L
KR FORE EEAESEH - 5l 10 245K, Micro-
CT UL [A] 20 46 5 % 1 K1 2 B 15 (Synchrotron
microtomography) ) & f&, {6 K5 41 i 52 5 24k A
A 2 Ak b, I BRI D), JEB A
PR T 2 Ay J A N 7R B K st R 4 2B S
IREEAR B AR O LE] P AT T 2L (Yin et al.,
2015; Bao et al., 2019). X S8+ AR A% 7 F T3t ik
SRS . N, Kiel 552010, 2013)%5 A 7EHH
- i 1 A A B B ORI T — N B R LS I
FIFH Micro-CT #14iH A XS X e at gk ik — 25 43 47,
RIIX R LG T 5 I A A IR — A3 T
IR B PEEFLRAL, IR X S AR A T
LI W A R A, T S SIS A T T ) O A e A
AR AT RE AL BE T X My R A Sh Y B 1 AT B
YA (Kiel et al., 2010).

FERIFST 7 T L, 7R bR A B 90 ) 3 32 2
PR 25 2 HETATA G ST A o XA K K A
A I 3 8 A A %) A0 i A 45 (1 i ek R T o
5T, AT WA e ) R A AT L o
TR 20 A iy KA R R B g A ) R e 8 T 2 1
W) J3: 455 o 3K O AFE T — 7 TR T L S 5 4 et 75 A
ARG KRB RIERIE S L SHIEH, 95—
THT ARG v K 5 A 0 b 25 27 R AR b 2 2 1 R e
Mogst. @ar sl KEdE, H5IANG I EM
G AT 5 9056 I IR K B s A it U T R Ak ) S
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B B (disparity) Fl g 28 A= 4056 AR 25 25 0] )
TR R IS 3 AR A, K Oy 1 — 20 BEAR A=) 5 IS5 1)
I A AL ) B A1t 2 L 4% 22 (Buatois et al., 2016,
2020; Minter et al., 2017; Zhang et al., 2019; Luo et
al., 2021). X7 A=yt RN 2R 40 300 300 A1 43 A
AT FE R AL B 220 B . AR ) 2 R
AT FEaRA, AR R TR R 3 AT A TR 32 B
TR WY RO W B ] G, e AE AN TR E
A 1) J2 TR 3 TR AL S8 A A A R s T A A
(Mariotti et al., 2016; Nelson and Smith, 2019;
McMenamin, 2020; Warren et al., 2020). XfFFH{Y
AN AT 2 T AR A Ay A v 68 i M) B et |
P20 2 b g 7 L R R SR A A I A S
VI AE, A Ao T LAt A b (Cn M BR Ak S R i) 25 ds
FH DX 43 3K e A A= O ARG 3 FHst i Ak f o 3 AME
40 5, Hrist 128 2% (Neoichnology) BF 57 [ ¥4
N, R R A a0 U ) — N T T ).
AR H AT C AT BT 700 BRI WEVR 5 IR B U A,
O3 AR AR RN A% 328 AR ) () AR A ) PSR EAT T WA
%% (Dashtgard, 2011; Wang et al., 2019), {HX} T
BEDCIRBETH LA, DA R A YR 366 1 B 3 IRAR A= 9
ROV AT O RJE s 7O &R AE, B H Firx
THVRIE AT AR R ok o 483 T ARG 7 e 7K i B8 IR
TR 7K 7 i AH XA ) 1) 3 2 AT kg AN T 5 AL,
IS HBEAT S AT A= W09 AT A B R SR S0 Ay
— P PRI A L aREALAT (R TE A D Ry A R
PRI AR R S AL B AR IE

B AT XREME RN, fEIRE
L0 R R i !
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